ABSTRACT Study of the South African endemic Quedius sexpunctatus Bernhauer, 1917 revealed a complex of four very similar species, here referred to as the Q. sexpunctatus group, three of them described as new. Although superÞcially similar to Quedius, members of the Q. sexpunctatus group differ signiÞcantly, in some morphological characters, from all other members of that genus, but they do not display any other afÞliation within the tribe Staphylinini. To assess the position of these "Quedius" within the system of the tribe, a parsimony-based phylogenetic analysis was conducted using 63 morphological characters for a taxon sample, including 10 species representing the genus Quedius, 24 species of other genera of the subtribe Quediina, 11 species from other subtribes of the tribe Staphylinini, and one species each of the tribes Maorothiini, Platyprosopini, and Arrowinini (altogether 48 terminal taxa). It showed that the Q. sexpunctatus group is a relatively basal lineage of Staphylinini, rather remote from the genus Quedius, and neither the latter, nor the whole subtribe Quediina, is monophyletic. The whole phylogenetic pattern yielded by the analysis, brießy discussed in the article, disagrees with the current conventional classiÞcation of the tribe Staphylinini. To translate the newly obtained phylogenetic information into the system, the new genus Afroquedius is proposed to accommodate the Q. sexpunctatus group. Other, more radical taxonomic changes suggested by the analysis are postponed pending a broader and more rigorous study with more extensive coverage of the tribe Staphylinini, for which this article is a stepping stone. A lectotype is designated for Quedius sexpunctatus Bernhauer, the type species of Afroquedius. The key to all known species of Afroquedius is provided.
Quedius, as it stands now, is a highly polyphyletic assemblage. For example, with the exception of the introduced Palaearctic species, all native "Quedius" of the Australian, and some of the Oriental, regions apparently are close to such described genera from these lands as Quediomimus, Quediopsis, Quediocafus, Cafioquedius (all now in Quediina) as well as to genera Cheilocolpus, Loncovilius from the south of South America (both now in Quediina). Detailed morphological examination of these southern "Quedius," other non-Holarctic Quediina, and various Staphylinini on a world basis (in progress) raised serious doubts about the monophyly of the current Quediina, too (even when the obviously nonmonophyletic "Quedius" is left out of consideration). In such an uncertain framework, the problem of taxonomic assessment of the Q. sexpunctatus group rose from the generic to the subtribal level. Solving such a problem required phylogenetic analysis with a taxon sample across Quedius, Quediina, and, to some extent, Staphylinini, broad enough to provide at least preliminary tests of the monophyly of Quedius and Quediina in their present limits.
The results of this analysis turned out to be strongly unconventional for Quedius, Quediina, and even Staphylinini: the Q. sexpunctatus group seems to be a rather basal group of Staphylinini, whereas monophyly neither of Quedius, nor of Quediina in their current senses (e.g., Smetana 1971 Smetana , 1995 Herman 2001; Newton and Thayer 2005) was supported. These results are consistent with the earlier doubts (Solodovnikov 2005 (Solodovnikov , 2006 Solodovnikov and Newton 2005) about the inconsistencies of the current "northcentered" conventional system of Staphylinini. For its improvement, an analysis much more extensive than the analysis presented here is required. Thus, no taxonomic conclusions or changes are made here except the description of the new genus Afroquedius for the proper accommodation of the rather peculiar Q. sexpunctatus group.
Materials and Methods

Depositories and Their Abbreviations
Material examined in this study is kept in the following institutions: BMNH, The Natural History Museum, London (R. Booth); FMNH, Field Museum of Natural History, Chicago; IRSN, Institut royal des Sciences naturelles de Belgique, Bruxelles (D. Drugmand); MRAC, Musé e royal de lÕAfrique centrale, Tervuren (M. De Meyer); SAMC, Iziko Museum of Cape Town, Cape Town, South Africa (M. Cochrane, S. van Noort); SANC, South African National Collection of Insects, Pretoria (R. Stals); TMSA, Transvaal Museum, Pretoria (J. Harrison, R. Mü ller); and ZMHB, Museum fü r Naturkunde der Humboldt Universität zu Berlin, Berlin (M. Uhlig, J. Frisch). All specimens of Afroquedius listed in this article are supplied with the unique numbers (FMNH-INS, 10 digits) corresponding to their respective records in the database maintained at the Division of Insects of the Field Museum. Full names, including authors, of all exemplar taxa examined for the phylogenetic analysis are given in Table 1 .
Microscopy and Illustrations
Beetle specimens were examined using dissecting (Leica MZ12.5) and compound (Wild M20) microscopes. Mostly, they were examined as dry pinned specimens, but a few were macerated in 10% KOH, rinsed, disarticulated, and examined as wet preparations in glycerin. All line illustrations were made using a camera lucida. Some characters of various Staphylinini used in the phylogenetic analysis were studied uncoated with an environmental scanning electron microscope (SEM; LEO EVO 60). For SEM examination specimens (originally pinned or preserved in 70% alcohol) were cleaned in an ultrasonic bath, air-dried, and mounted on stubs. 
Measurements and Their Abbreviations
Measurements were made with an ocular linear micrometer and are given in millimeters; they are taken and abbreviated as explained in Table 4 . Total length of the body given in the descriptions was measured from tip of mandibles to tip of abdomen.
Phylogenetic Software and Algorithms
A data matrix was prepared using Nexus Data Editor for Windows, version 0.5.0 (Page 2001) . PAUP 4.0b10 for Macintosh (Swofford 2003) was used for the tree calculations. Heuristic search settings were the following: starting trees obtained via stepwise addition with one tree held at each step, addition sequence simple, branch-swapping algorithm tree-bisection-reconnection, "MulTrees" option in effect, inapplicable character states are treated as "additional state". Successive approximations character weighting was implemented in PAUP*. MacClade 4 (version 4.03) (Maddison and Maddison 2002 ) was used to examine some tree statistics and character distributions on the trees. The distance-based tree was calculated in PAUP* using the unweighted pair-group method with arithmetic mean (UPGMA) (Sokal and Michener 1958) .
What Is Quedius and What Is Quediina? Problems with the Currently Accepted Concepts
Characters constituting the current diagnosis of the genus Quedius, as summarized in the most recent monographic works (Coiffait 1978; Smetana 1971 Smetana , 1995 delimit the genus rather vaguely: tarsal formula 5-5-5; presence of variously developed infraorbital ridges; pronotum with more or less deßected hypomera and developed membranous postcoxal process, with dorsal rows of one to three punctures on disk; prosternum usually with median longitudinal carina; mesosternum with sharp intercoxal process (mesocoxae contiguous); aedeagus with parameres fused into a single lamella.
The genus is divided into more than 10 subgenera without agreement among researchers on their actual number and limits (Herman 2001) . Most of these subgenera are based on the north temperate species, all species from the south temperate regions remaining unassigned to any of them. Such a very broad (Ϸ800 species ; Herman 2001) and weakly structured generic concept of Quedius emerged from the cumulative efforts of various authors who were gradually adding new species from various parts of the world to this genus initially described from Europe. Subgeneric divisions of Quedius were developed more or less independently by European and North American authors for their respective faunas, until Smetana (1971) provided some integration of these systems on a broader Holarctic basis. But, as Solodovnikov (2002 Solodovnikov ( , 2004 repeatedly pointed out, the subgenera of the Holarctic Quedius remain insufÞciently deÞned taxa, and the limits of the genus Quedius have never been assessed on a world basis.
Moreover, the inconsistencies outlined for Quedius are true for the whole subtribe Quediina (currently Ϸ40 genera and Ͼ1,200 species, based on an unpublished database maintained by A. Newton). The most recent summary of the classiÞcation of Staphylinini available in Smetana and Davies (2000) deÞnes the subtribe Quediina as follows: pronotal hypomeron more or less strongly inßexed below the anterior angles of pronotum (1); prosternum separated from pronotum by the well developed notosternal suture (2); anterior angles of pronotum produced beyond anterior margin of prosternum (3); and infraorbital ridge on the head usually complete ventro-laterally (4). Other characters, usually additionally listed for Quediina (for example, position of superior and inferior marginal lines of pronotum, and so on) overlap with the diagnostic combinations of characters for other subtribes of Staphylinini. With a closer look, such a deÞnition of Quediina is as weak as the discussed deÞnition of the genus Quedius.
As pointed out by Smetana (1977) , deßected hypomera (1) and protruding anterior angles of the pronotum (3) are not independent characters but are instead correlated features associated with the characteristic shape of prothorax with deßected hypomera. A distinct notosternal suture (2) (as opposed to partly or entirely fused prosternum and pronotum) is also to some degree correlated with the deßection of the hypomera. A closer examination of the "infraorbital ridges" (4) of various Quediina (and even of various Quedius only) reveals at least three different situations hidden under the condition "head with well developed infraorbital ridges". Only some Quediina [e.g., Quedius (Quedionuchus); Fig. 2 ] have true infraorbital ridges, which are homologous to those deÞned for Staphylinini in Smetana and Davies (2000) . Others have an "infraorbital ridge" composed of the conßuence of the true infraorbital ridge and lateroventral extensions of the nuchal ridge. In such cases, it is unclear which of the two ridges (or both) constitute the anterior extension of the true infraorbital ridge [e.g., Quedius (Distichalius); Fig. 3] . In yet another group, the true infraorbital ridge is absent, but it is the nuchal ridge (homologous to that of Smetana and Davies 2000) with long lateroventral extensions, that look like "infraorbital ridges" (e.g., Afroquedius; Fig.  10 ). Additionally, there may be cases when homology of the "infraorbital ridge" is not clear at all. For example, in Valdiviodes (currently in Quediina), "infraorbital ridges" can be interpreted either as true infraorbital ridges (in which case in this genus the nuchal ridge is absent), or as ventral extensions of the dorsally obsolete nuchal ridge (in which case in this genus the true infraorbital ridges are absent) (Fig. 4) . Based on the traditional morphological criteria of homology (resemblance of position, resemblance in detailed structure, transitions through intermediate forms), so far there is no morphological clue to establish the homology of the "infraorbital ridge" of Valdiviodes. The same problem can be illustrated by the genus Antimerus (currently in Quediina), which has a pair of short ridges at the sides of the head (Fig.  5) . It is unclear whether these lateral ridges are homologous to the infraorbital ridges, the nuchal ridge (dorsally obsolete), or something else.
Thus, characters 1Ð3 considered as synapomorphies of Quediina are indeed strongly correlated with the shape of the pronotum (particularly the deßexed hypomera), which, in turn, is a more or less widely distributed character state within Staphylinini and allied groups (Solodovnikov 2005 (Solodovnikov , 2006 Solodovnikov and Newton 2005) . In contrast, character 4 (infraorbital ridge) is weakly deÞned, and, in its strictest sense as the infraorbital ridge sensu Smetana and Davies (2000) , is characteristic of only a part of the current Quediina. "Infraorbital ridges" of all Quediina are a mixture of various traits with different or uncertain homologies. In conclusion, it is not an exaggeration to say that both Quedius and Quediina, as they stand now, actually lack any well deÞned synapomorphies or even reliable diagnoses. Such a situation is a result of the history of these concepts, which were initially created centuries ago for the limited north temperate faunas and then, gradually and with difÞculties, expanded to a limited number of "exotic" taxa. With the broader assessment of non-Holarctic faunas and the consistent phylogenetic approach fairly recently introduced to the systematics of Staphylinidae, earlier taxonomic concepts are likely to be modiÞed.
Phylogenetic Analysis: Finding a Proper Taxonomic Solution for the Quedius sexpunctatus Group
Ingroup and the Outgroups. The major purpose of the phylogenetic analysis in this article is to test the implicit current hypothesis that the Quedius sexpunctatus group of species belongs to the genus Quedius. Under the current circumstances, where clear deÞni-tions exist for neither Quedius nor Quediina, the taxon sample for the analysis should be broad enough to test the currently accepted concepts for these taxa, too. Therefore, the ingroup sample of this study broadly covers the diversity of Quedius and Quediina on a world basis and includes some representatives of the other subtribes of Staphylinini. Of the nonquediine Staphylinini, representatives of the subtribes Xanthopygina, Anisolinina, Staphylinina, Amblyopinina, and Tanygathinina are included in the ingroup (Table  1) . The highly autapomorphic subtribes Tanygnathinina and Amblyopinina are included because their afÞnities to some members of the current Quediina were suspected previously (e.g., Tikhomirova 1973; Newton 1985) and have been recently discussed (Solodovnikov 2005, Solodovnikov and . Hyptiomina, another highly peculiar subtribe of Staphylinini, is not included in the analysis because it does not display close relationships to Quediina.
Selecting an outgroup for this analysis is not straightforward. On the assumption that Quediina and the other current subtribes of Staphylinini are monophyletic groups, representatives of the sister subtribes Philonthina and/or Staphylinina could be used as outgroups for the analysis of relationships within Quediina. But monophyly of Quediina is not certain, and this suspicion applies to other subtribes of Staphylinini, too. Thus, at least for the initial steps of the analysis, a more distant outgroup was chosen. Based on the recent analyses in Assing (2000) and Solodovnikov and Newton (2005) , representatives of the staphylinine tribes Arrowinini (sister to Staphylinini), and Platyprosopini and Maorothiini (both members of Staphylininae, but more distantly related to Staphylinini), were used as outgroups. Underlined taxa are those used in Analysis III with a reduced data set. Question marks (?) at the subtribal assignments for some species indicate that alternative placements exist in recent published literature.
Quotation marks at some species of "Quedius" indicate that recent unpublished studies suggest alternative generic afÞliations. 1Ð 63, sequential character numbers; 0 Ð5 in table, numbers of character states; missing data coded as "?", inapplicable as
Characters. Characters for this phylogenetic analysis are limited to features of the exoskeleton. They were chosen based on the following criteria: 1) they should be clearly observable; 2) characters and character states should be well delimited; 3) hypotheses about homology of the states for each character should be sound; and 4) the entire character set should cover the whole body more or less evenly, or at least it should not be strongly biased toward any particular body region. Consistent application of these requirements, aimed at having clear character concepts, led to signiÞcant reduction of the initial exploratory character set (which included approximately 90 Ð100 characters). For example, criterion one did not allow the inclusion of the eversible abdominal odoriferous glands, because their unambiguous detection in dry, or even alcohol-preserved, specimens is difÞcult and possibly requires special dissecting and staining techniques applicable to morphological examination of soft tissues. Criterion 3 led to the chaetotaxic characters, claimed as systematically important for Quediina (Smetana 1971 ) being so poorly represented in the matrix. The number, position and shape of the macrosetae (so-called "taxonomic setae") vary so signiÞ-cantly across representatives of world Quediina and other investigated Staphylinini that, based only on their shape and position, in most cases I failed to establish homologies among setae, and thus meaningfully deÞne chaetotaxic characters and their states.
Even with such a Þlter some characters included in the analysis may seem more ambiguous than others, e.g., there is no sharp delimitation among the states for the shape of the ligula, the number of antennal segments without pubescence, and symmetry versus asymmetry of the aedeagus and of abdominal sternite IX in males.
No research has been done on the comparative functional morphology of Quediina or other Staphylinini, and many characters used in this analysis are introduced to the phylogenetic study of Quediina and allies for the Þrst time. Thus, there is no useful framework for reasonable a priori assumptions about possible trends of character evolution. Therefore, characters in the analysis are always treated as unordered.
Although the problem of character weighting is a highly disputed topic in phylogenetics, especially that based on morphology (e.g., see review and references in Wägele 2004), I assume that various characters have different weight for phylogenetic inference. Differential weighting of characters relies on the various organ systems (represented in the analysis by different characters) having different input to the phylogenetic history of the group. Also, all phylogenetic characters are hypotheses of homology. In terms of degree of conÞdence in a homology statement, they inevitably can be better or worse in various cases. Differential weighting, therefore, also results from this "practical" aspect of the reliability of characters. Because there is no adequate framework for a priori character weighting, initial analyses in this article were always made with the assumption that all characters have equal weights. Weighting of characters was instead applied a posteriori, with successive approximations weighting based on rescaled consistency index (Farris 1969 ) chosen as a model.
List of Characters and Character States
All characters are parsimony informative.
1. Antennae, pubescence: antennomeres IÐIII lacking pubescence (with only sparse longer setae), pubescence starts with antennomere IV (0); antennomeres IÐIV lacking pubescence (with only sparse longer setae), pubescence starts with antennomere V (1) (1); widening apically, with more or less truncate apex (2). 18. Pronotum, punctation of disc: smooth, without setiferous punctures (if punctured, punctures without setae) (0); more or less densely punctured, setiferous punctures not arranged in longitudinal rows (1); very sparsely punctured, these large setiferous punctures arranged in longitudinal rows (sometimes also with distinctly smaller and denser punctation not arranged in rows) (2). 19. Pronotum, superior marginal line of pronotal hypomeron: developed through its whole length, not deßexed under anterior angle of pronotum (0); developed through its whole length, deßexed under anterior margin of pronotum (1); ending at anterior corners of pronotum, not deßexed under them (2). 20. Pronotum, superior and inferior marginal lines of hypomeron: inferior line shorter than superior line and not meeting with it (0); inferior line subcontiguous or fused to superior line posterior to anterior angles of pronotum (1); inferior line (sometimes partly obsolete) fused with superior line anterior to anterior angles of pronotum (2); inferior line longer than superior line and not meeting with it (3). 21. Pronotum, front angles: not strongly produced beyond (anteriad of) anterior margin of prosternum (0); strongly produced beyond (anteriad of) anterior margin of prosternum (1 (0); with a few punctures bearing macrosetae forming loose row (1); more or less densely punctured, punctures not arranged in rows (2). 30. Elytra, spines or spine-like setae (distinctly stronger than other setae of elytra) on shoulders: absent (0); present (1). 31. Mesosternum: with more or less irregular group of a few macrosetae (in some combined with shorter general setation) (0); with one pair of macrosetae (1); almost asetose (2). 32. Mesosternum, sternopleural (anapleural) suture: transverse (0); oblique (medial end of suture anterior to its lateral end) (1). 33. Mesosternum, structure of its medial part (with respect to the position of mesocoxae): disc of mesosternum situated more or less in one plane with, or only slightly more ventrally than, its medial part (mesosternal part of mesocoxal acetabula) (0); disc of mesosternum situated distinctly more ventrally than its medial part (mesosternal part of mesocoxal acetabula), which usually is carinate (1). 34. Mesosternal intercoxal process: rounded or, if pointed, forming more or less obtuse angle (0); narrow, usually pointed, forming more or less sharp angle (1). 35. Mesocoxae: contiguous (0); more or less separated by elevated part of metasternum (1). 36. Mesoscutellum: with one transverse carina, separating scutellum from prescutum (0); with two transverse carina (one, more posterior one separating scutellum from prescutum, anterior one extending between anterior notal wing processes) (1) . Note: Terminology according to Blackwelder (1936 produced into more or less inßated, apically sharp processes (0); produced into more or less inßated, apically obtuse or rounded processes (1); produced into broad, ßat, apically pointed processes (2). 53. Ovipositor: consisting of paired proximal and distal gonocoxites, the latter bearing styli (0); consisting of only paired proximal and distal gonocoxites, styli absent (1); consisting of only one pair of gonocoxites (2). 54. Female tergal sclerites IX, setation: with setae only (0); apically and externally also with spines (1). 55. Ovipositor, distal gonocoxites: with only setae (0); with setae and spines (1). 56. Aedeagus, parameres: paired, well separated (0); paired, but two lobes contiguous or fused to each other (at least basally) (1); fused into a single lobe (sometimes with somewhat bifurcate apex) (2). Note: Male characters for Beeria nematocera are extracted from Smetana (1977) . It is difÞcult to decide for this species whether the two lobes of the paramere are a result of fusion of the originally separated two parameres, or of secondary bifurcation of the originally single (two parameres totally fused) parameral lobe. 57. Aedeagus, sensory peg setae of the paramere(s): absent (0); present (1) . Note: In Quediocafus insolitus there are some very small and pale peg setae, much smaller and paler than the typical strongly sclerotized sensory peg setae. So, this character state for that species is coded as "0". 58. Aedeagus, basal part of median lobe: more or less symmetrical (0); more or less asymmetrical (1). 59. Aedeagus, apical part of the median lobe, degree of symmetry: symmetrical (0); more or less asymmetrical (1). 60. Aedeagus, paramere(s), degree of symmetry: symmetrical (0); more or less asymmetrical (1). 61. Aedeagus: paramere(s) is (are) not (or at most slightly) produced over apex of median lobe, usually narrower or at most as wide as median lobe: median lobe is the larger part of the aedeagus (0); paramere strongly produced over apex of median lobe, mostly as large as, or larger than, median lobe: paramere is the larger part of the aedeagus (1). 62. Aedeagus, paramere(s): fused to median lobe only at base, at place of its (their) attachment to median lobe; otherwise paramere(s) distinctly separated from median lobe along entire length (0); fused to median lobe only at base, at place of its (their) attachment to the former; and very closely appressed to median lobe along entire length (1); fused to median lobe along its (their) entire length, paramere(s) and median lobe hardly distinguishable from each other (2). 63. Aedeagus, position of dorsal "parameral" side in abdomen in repose: facing dorsally (0); facing ventrally (1); facing left laterally (2).
Overall Plan and Rationale of the Cladistic Analysis. The cladistic analyses were conducted with parsimony as an optimality criterion. The Þrst analysis (analysis I) included distant outgroups (Maorothiini and Platyprosopini). Its major purposes were to assess the monophyly of Quediina and to Þnd a closer outgroup for the next step: assessment of the monophyly of Quedius and Þnding the phylogenetic position of the Q. sexpunctatus group. The Þrst analysis, consistently with Solodovnikov and Newton (1995) , supported the monophyly of Staphylinini and its sister relationship to Arrowinini, but it did not support the monophyly of Quediina. It suggested closer outgroups (Arrowinus and Valdiviodes) for the second analysis. Notably, it placed the Q. sexpunctatus group far outside Quedius and Quediina, at the base of Staphylinini.
The analysis with the closer outgroups (Arrowinus and Valdiviodes) (analysis II), consistently with anal-ysis I, supported the monophyly of Staphylinini, rejected the monophyly of Quediina and Quedius, and placed the Q. sexpunctatus group far outside Quedius and Quediina at the base of Staphylinini. In both analyses, because of the relatively large data matrix, the most parsimonious trees were sought by means of heuristic searching. To test the heuristic results, an additional analysis was made with the exact branchand-bound search method (analysis III). To maintain reasonable computational time, analysis III used a reduced sample of 16 taxa (those underlined in Table 1 ). Elimination of taxa from the initial matrix for analysis III was done on the basis of the results of analyses I and II, i.e., so that all their major clades and lineages would be represented in the reduced matrix. Finally, to compare the results obtained from the parsimony analyses with possible phenetic pattern, the initial large matrix was processed by means of a distance method, namely, UPGMA (analysis IV).
Because heuristic parsimony-based searchers of the equally weighted characters in the analyses I and II yielded very high (more than thousand in each case) numbers of the most parsimonious trees, with the strict consensus trees in each case being poorly resolved above a few basal nodes, in hope for better resolution, analyses I and II were repeated with the successive approximations weighting based on the rescaled consistency index. Because the detailed assessment of various clades obtained here is beyond the main goal of this study, and the taxon sample is too limited for conÞdent estimate of the phylogeny of Staphylinini, statistical estimates of the clade stability (e.g., decay index) were not provided or discussed. The results of the heuristic search with successive approximations weighting stabilized at the character weights shown in Table 2 with 21 equally parsimonious trees of length 55.9084 (CI ϭ 0.441, RI ϭ 0.707). The strict consensus of these trees is shown in Fig. 6a . In agreement with the initial search using the equally weighted data set, this analysis supports the sister group relationship of Arrowinini and Staphylinini, and, within Staphylinini, it also places Valdiviodes as the sister taxon of the rest of the ingroup. Resolution of the ingroup in this analysis is much higher. In general, the topology of the tree in Fig. 6a does not display a phylogenetic pattern predicted by the current subtribal system of Staphylinini. Only the subtribes Staphylinina, Philonthina, and Anisolinina each seem monophyletic (as far as the concept of monophyly can be applied for the so extremely limited taxon sample for these immense groups!), whereas the monophyly of Xanthopygina does not hold even on the basis of its three taxa involved in the analysis. All the taxa representing subtribes Staphylinina, Philonthina, and Anisolinina are relatively terminal branches of clade A (Fig. 6a) , of which the currently quediine genera Beeria, Heinzia, and the subgenus Quedius (Quedionuchus) constitute more basal branches. Representatives of the subtribes Amblyopinina and Tanygnathinina are placed within clade B, which is sister to clade A and consists of various genera of supposed Quediina mostly from the southern hemisphere. Only the genus Indoquedius and subgenus Quedius (Euryquedius), taxa from the Oriental and Palaearctic regions, respectively, link this clade at its base. Other genera of Quediina sampled for this analysis seem scattered all over the tree, some (Valdiviodes, Bolitogyrus, Quediomacrus, Lonia, Astrapeus, The Q. sexpunctatus group seems in this analysis to be a rather isolated, basal member of Staphylinini, very distant from Quedius in both broad (as it is now) and narrow (mostly taxa restricted to Holarctic) senses.
Results of Cladistic
Analysis II. The heuristic search for analysis II led to 1,540 shortest trees (tree length [TL] ϭ 361, CI ϭ 0.251, RI ϭ 0.582). The strict consensus of these shortest trees has overall very low resolution except the basal nodes: (OUTGROUP [Quedius sexpunctatus group ϩ rest of INGROUP]). As in Analysis I, Q. sexpunctatus group occurs as a sister taxon for the rest of ingroup.
The results of the heuristic search with successive approximations weighting stabilized at the following character weights (Table 2 ) and six equally parsimonious trees of length 52.38423 (CI ϭ 0.447, RI ϭ 0.740). The strict consensus tree is shown in Fig. 6b . The topology of this consensus largely agrees with that from the successively weighted result of analysis I. It does not support the phylogenetic pattern expected from the current system of Staphylinini, and rejects the monophyly of Quediina and Quedius. Consistently with the previous analyses, Quedius sexpunctatus group seems to be a rather isolated basal member of Staphylinini, distant from the genus Quedius taken in Table 1 ) after successive approximations weighting; Analysis I with distant and closer outgroups; analysis II with only close outgroup. A, B, C, D, most similar clades of interest between the two consensus trees (details in the text). In the current classiÞcation, taxa belonging to Quedius are marked by smaller circles, and those belonging to Quediina by larger circles.
its broad (as it is now) and narrow (as mostly restricted to Holarctic) sense. Both trees in Fig. 6 have rather similar branching topology and similar composition of the major clades, those labeled A, B, and C in both diagrams being especially similar. A few smaller terminal clades in both trees are identical: D, E, and some subclades of B. The difference between the two trees is in the position of several genera, most notable of them Antimerus, Indoquedius, Quetarsius, and Bolitogyrus, and the subgenus Quedius (Quedionuchus).
Analysis III. The branch-and-bound exhaustive search applied to the reduced taxon sample (underlined taxa in Table 1 ) revealed two equally parsimonious trees (TL ϭ 149, CI ϭ 0.584, RI ϭ 0.492), the strict consensus of which is shown in Fig. 7 . As can be seen, the topology of that much simpler tree is consistent in some ways with those obtained in the previous analyses (cf. Figs. 7 and 6) , namely, the basal position of Valdiviodes; relatively basal position of Anaquedius, Parisanopus; relatively terminal position of Staphylinina with respect to the rest of the ingroup; nonmonophyletic Quedius and Quediina. Placement of Q. sexpunctatus group, as a rather basal taxon of Staphylinini, is absolutely consistent with the results in the above-mentioned analyses.
Analysis IV. With respect to the problem of the monophyly of Quedius and Quediina and the status of the Q. sexpunctatus group, the tree obtained from the unweighted pair-group method with arithmetic average analysis (Fig. 8) is consistent with the major results of all previous analyses: Quedius and Quediina are not "monophyletic," and the Q. sexpunctatus group is not a member of Quedius, but it is a distinct separate taxon. But this tree is seriously different from all parsimony trees in details, and, among all of them, the unweighted pair-group method with arithmetic average tree is the closest to the pattern predicted by the current system of Staphylinini. Its group A is not a complete match with the current concept of Quediina, but it is the closest, including the Q. sexpunctatus group as a member of that clade. Also, its group B is the closest match to the "true Quedius."
Discussion
Detailed discussion of the phylogenetic pattern obtained is beyond the scope of this article. As mentioned above, the taxon/character sample of this analysis was restricted to Þnding out whether Q. sexpunctatus group is related to Quedius in the broad or narrow senses and therefore is insufÞcient for broader conclusions about the phylogeny of Staphylinini. At all steps, the analysis showed very consistently that the Q. sexpunctatus group is by no means a member of the genus Quedius, the latter, in turn, being polyphyletic. Thus, a separate new genus, Afroquedius, is proposed here for the Q. sexpunctatus group of species. Further placement of Afroquedius within the system of Staphylinini, however, remains to be established. Based on this analysis, Afroquedius is a rather basal lineage of Staphylinini. To Þx its position within the tribe Staphylinini right now, one would have to introduce rather radical changes in the classiÞcation of Fig. 7 . Strict consensus of most parsimonious trees obtained in branch and bound analysis of the reduced taxon sample (underlined taxa in Table 1 ). Fig. 8 . Tree obtained for full taxon sample in analysis using unweighted pair-group method with arithmetic average. A, B, groups of interest (details in the text). In the current classiÞcation, taxa belonging to Quedius are marked by smaller circles, and those belonging to Quediina by larger circles.
this tribe. At a minimum, for example, Quediina would have to be restricted to a group somewhat similar to the clade C in the left tree in Fig. 6 ; a new group (possibly subtribe) equivalent to the clade B would have to be proposed (where current highly autapomorphic subtribes Tanygnathinina and Amblyopinina would be placed); and new supra-generic taxa would have to be Þxed for the basal genera like Valdiviodes, Afroquedius, and so on.
It is obvious, however, that before any changes for the formal classiÞcation of this immense group of rove beetles are proposed, the novel phylogenetic pattern seen here must be explored more carefully and tested, at least on the basis of a much more representative taxon sample. Apart from being very small for reliable assessment of the phylogeny of Staphylinini, the analyzed matrix seems not to have a clear phylogenetic signal overall, as a result of which the initial parsimony searches (with all characters equally weighted) found very large numbers of equally parsimonious solutions. Increased taxon sampling, improvement of the deÞ-nitions of the morphological characters (to which an increased taxon sample also may contribute with respect to better assessment of homologies), and molecular data will probably increase the overall consistency of the phylogenetic result.
At the same time, the tree topologies obtained here (Figs. 6 and 7 ) are interesting in a few aspects that are worth brief consideration. First, they do not look completely new or unexpected. Sister group relationships of Arrowinini and Staphylinini are consistent with the earlier analysis in Solodovnikov and Newton (2005) . The rather isolated basal position of Valdiviodes within Staphylinini is consistent with the signiÞcant morphological isolation of this genus and its obviously relict distribution (Smetana 1981) . The phylogenetic separation of the southern temperate and northern temperate Quediina is in agreement with the emerging results of my work in progress based on a much larger taxon sample for this group. For some groups [e.g., Beeria, Heinzia, Quedius (Quedionuchus)], which have unconventional positions in this analysis, difÞculties of their placement in Quediina were seen previously (Smetana 1977) , and thus their positions outside the clade C in Fig. 6 is not very surprising. It is noteworthy that the close afÞnity of Tanygnathinina with the southern "Quediina" shown here was previously suggested in Solodovnikov (2005) , based on the nonstatistical evaluation of characters. The basal positions of the genera Parisanopus, Lonia, Quediomacrus, and Bolitogyrus look possible from a biogeographic perspective. These groups are neither speciose, nor widely distributed taxa, and presumably they are old lineages. Bolitogyrus has an unusual disjunct distribution in the tropics of Asia and South America. Careful examination of Quedius (Pridonius) makes it clear that it is related to Neotropical Xanthopygina and its placement in Quedius is an obvious mistake based on very superÞcial resemblance. Cyrtoquedius, the Neotropical subgenus of Quedius, is rather distant from the true Quedius, too. Even with respect to the isolated position of Afroquedius obtained in the course of this formal analysis, this was suspected by other researchers (A. Newton, personal communication) , and it is consistent with the biogeographic data on the relict fauna of the Afromontane forests in South Africa (e.g., Endrö dy-Younga 1978; for other Staphylinini, see Solodovnikov 2005; Solodovnikov and Newton 2005) .
However, except the deÞnite conclusion that the Q. sexpunctatus group is a very distinct taxon not closely related to Quedius, this analysis does not give Þrm answers for many other questions it raises. Thus, except proposal of a new genus for the Q. sexpunctatus group, no other taxonomic changes are suggested here. But now there are no doubts that such current taxa as Quedius, Quediina, and Staphylinini await serious reclassiÞcation. Keeping in mind that the phylogenetic hypothesis in Figs. 6 and 7 may still be far from the actual phylogeny of Staphylinini, there is reason to believe that it is closer to it than the existing conventional classiÞcation of the tribe. This classiÞ-cation, as demonstrated here by the UPGMA tree ( Fig.  8) , is considerably phenetic. The phenetic nature of existing large taxa such as Quedius, Quediina, and other large genera and subtribes of Staphylinini is apparently a result of the strong impact of overall similarity on systematic decisions, especially in times before phylogenetic thinking took hold. Also, there seems to be a high degree of homoplasy for many morphological characters of Staphylinini. Whether these characters are actual synapomorphies has never been rigorously tested. Notably, the characters delimiting traditional Quedius or Quediina, or some characters otherwise widely used in the generic and higher level classiÞcation of Staphylinini (e.g., degree of development of the infraorbital ridges (Table 2 ). In contrast, some other characters (e.g., shape of the sub-basal ridge of the elytra [28] , structure of the mesoscutellum [36] , structure of the female terminalia [53Ð55]), which were not used for the delimitation of groups in earlier classiÞcations, received relatively high weights and are worth further exploration within larger samples of taxa. So, the limited tests of the current system of Staphylinini to date (Solodovnikov and Newton 2005, this analysis) indicate the necessity of the future studies for the more reliable recovery of the phylogenetic patterns, and predict signiÞcant modiÞcations of existing classiÞcations.
Afroquedius gen. nov.
Type Species: Quedius (Sauridus) sexpunctatus Bernhauer, 1917 To facilitate comparisons with other genera of interest, characters used for the phylogenetic analysis and included in the data matrix (Table 1) are given in the description in italics and provided with their corresponding numbers in the format: character-state.
Habitus (Figs. 1 and 20 -23 ). Medium size (body length 7.5Ð13.0 mm) beetles; coloration dark brown with paler appendages and, sometimes, elytra and pronotum. Body glossy. SuperÞcially resembling species of Quedius of the subgenus Raphirus (sensu Smetana 1971) .
Head capsule (Figs. 1, 10 , and 20 Ð23) of rounded shape (varies slightly among species) with well developed neck constriction all around ; epistomal suture absent ; eyes well developed, large (in dorsal view much longer than temples), protruding slightly beyond contour of head; gular sutures conßuent at base, diverging anteriad; neck with nuchal ridge (Fig.  10, nr (Fig. 10, pmr) short but distinct ; head capsule with macrosetae in characteristic arrangement (Figs. 20 Ð23 ) not varying interspeciÞcally; submentum with one pair of macrosetae, each associated with two of much smaller setae; antennal insertions at antero-lateral margins of frons, anterior to eyes, not concealed from above, distance between them much longer than distance from either insertion to margin of eye. Antennae moderately long; Þrst segment almost as long as second and third together; third segment longer than second; next segments gradually becoming wider and shorter toward apex of antenna; last segment slightly shorter than combined length of two previous segments; dense pubescence of antennal segments starting from fifth segment, first four antennal segments glabrous , with only macrosetae. Mandibles (Fig. 12 ) moderately long and sharp, curved, without mola, with one tooth internally, with well developed dorso-lateral groove (Fig. 12, visible from dorsal side of mandible , with brushy prostheca broadly attached to mandible by its base. Labrum (Fig. 9) transverse, bilobed, without transparent apical membrane , epipharynx with longitudinal rows of tiny setae. Maxilla as in Fig. 14, all segments of maxillary palp oblong, last segment fusiform , setose, longer than penultimate segment. Labium as in Fig. 13 ; superior marginal line of pronotum (Fig. 11, sml) well developed through its whole length, not deflexed inward ; inferior marginal line (Fig. 11, iml) shorter, not reaching anterior angles of pronotum ; translucent semimembranous postcoxal process (Fig. 11, pcp) of pronotal hypomeron small but well developed . Prosternum without antesternal plates, with well developed sternacostal ridge (Fig. 11, scr) separating basisternum and furcasternum and distinct mid-longitudinal carina on furcasternum and basisternum , with pair of macrosetae near apical margin ; prosternum fused to pronotum, notosternal sutures (Fig. 11, nss) mostly indistinct .
Mesosternum (Fig. 16 ) without medial carina, with short but sharp mesosternal intercoxal process , with pair of macrosetae and pair of smaller setae; disk of mesosternum situated distinctly more ventrally than median intercoxal part of mesosternum (mesocoxal cavities relatively deep) ; meso-metasternal suture (Fig. 16 , mms) visible through its whole length; mesothoracic spiracles (Fig. 11, ms ) with large obliquely ovoid peritreme. Elytra (Fig. 15 ) moderately long to relatively short, with distinct humeri, densely punctate and setose, also with few macrosetae in characteristic arrangement (Figs. 20 Ð23) , without humeral spines; elytral subbasal ridge (Fig. 15, sbr) long, extending from scutellum to elytral humerus ; mesoscutellum (Fig. 15, msc) dorsally setose, with two carinae (Fig. 15, c) .
Metathorax (Fig. 16 ) moderately long. Wings variously developed, from probably fully functional to variously shortened (varying interspeciÞcally and possibly intraspeciÞcally).
Legs moderately long (Fig. 1) ; anterior legs slightly shorter than middle and posterior; all tibiae with spines on external sides; anterior tibia with apical oblique tibial comb; tarsal formula 5-5-5; anterior tarsi in both sexes with enlarged segments I-IV (Figs (Fig. 16) .
Abdomen oblong, more or less parallel-sided along most of length (Fig. 1) , narrowing anteriad, ßattened dorso-ventrally, surface with sparse punctation and setation; abdominal tergite I laterally with ovoid indentations (acetabula) on each side representing cuticular manifestation of apparently well-developed prototergal glands (Fig. 15, ptg) [44-2]; segments IÐVIII each bearing one pair of spiracles; segments IIIÐVI each with two pairs of paratergites, those of each pair equal in length and meeting along their lengths; segment VII with two pairs of paratergites, the basal ones shorter and meeting the longer more apical ones obliquely; rest of abdominal segments without paratergites; abdominal tergites III (Fig. 18) (19) Female terminalia, ventrally; ac, anterior carina; ag, apical gonocoxites; bg, basal gonocoxites; c, carina; dlg, dorso-lateral groove; imr, inferior marginal line; lts, lateral tergal sclerites; mms, meso-metasternal suture; ms, mesothoracic spiracle; msc, mesoscutellum; nr, nuchal ridge; nss, notosternal suture, traces; pc, posterior carina; pcp, postcoxal process; pgr, postgenal ridge; pmr, postmandibular ridge; ptg, prototergal gland; s, stylus; sbr, sub-basal ridge; scr, sternacostal ridge; sml, superior marginal line; vbr, ventral basal ridge; III-V, numbers of abdominal segments. Scale bars ϭ 1 mm. (Fig. 18, Distribution and Biology. The overall generic range covers the southern and eastern parts of South Africa (Fig. 40) . The species are associated with forests, mostly afromontane. All species of the genus are leaf litter dwellers and, like other Staphylinini, presumably are predaceous.
IV
Comparison. The genus Afroquedius is rather peculiar within Staphylinini. It differs from the genus Quedius (which does not occur in the Ethiopian region, but in which Afroquedius sexpunctatus was originally described) in the combination of characters summarized in Table 3 . Afroquedius can be easily distinguished from among all other genera of Staphylinini recorded in South Africa by characteristic habitus. (Fig. 23) . Apex of aedeagus in ventral or dorsal view very obtusely rounded, distinctly blunt (Fig. 33) (Fig. 20) ; imaginary line on the vertex connecting inner margins of eyes in the middle of their lengths exceeding 0.9 mm). Segments IÐIV of anterior tarsi each with distinct narrow basal part (stem) (Fig.  25 ). Widely distributed (Fig. 40) (Fig. 21) ; imaginary line on the vertex connecting inner margins of eyes in the middle of their lengths not exceeding 0.8 mm). Segments IÐIV of anterior tarsi each with very short hardly distinct nar- Relatively large: variously wide and long, but only exceptionally as short as in Figs. 26Ð38 Paramere, sensory peg setae Absent Present in the majority times, elytra paler, piceous brown; head and pronotum glossy with blueish metallic reßectance, elytra glossy, abdomen glossy with strong iridescence. Length 9 Ð13 mm; other measurements in Table 4 .
Head roundish, with large eyes; disc with characteristic large and smaller setae, with Þne and very sparse, hardly distinct punctation.
Pronotum slightly wider than long, more or less parallel-sided, with rounded but distinct anterior angles and broadly rounded posterior angles. Chaetotaxy of pronotal disc as in Fig. 20 .
Scutellum punctate at apex, with a few setae similar to those on elytra.
Elytra slightly longer than pronotum, densely and moderately coarsely punctate and covered by goldish setae. Large black macrosetae characteristically arranged as in Fig. 20 .
Wings well developed. Abdomen with punctation much sparser than that on elytra, tergite VII with apical palisade fringe. Given in the format: min.Ðmax (mean). Mean value was not calculated when fewer than Þve specimens were available for measuring, n, number of specimens measured for each species. HL, head length (from apex of clypeus to neck construction); HW, maximal head width (including eyes); IOW, interocular width (along imaginary line on the vertex connecting inner margines of eyes in the middle of their lengths); PL, pronotal length (along midline); PW, maximal pronotal width; EL, elytral length (from humerus to most distal apical margin; best taken from lateral view of the elytron); and EW, maximal combined width of both elytra (with elytra closed along suture).
